degradation, and modification of complex carbohydrates [16] . CA-Zymes are important for the biotech industry, as the degradation of complex polysaccharides (cellulose, hemicellulose, pectin, and lignin) in the plant cell wall by microbes produces biofuels [16] . We identified 210 CAZymes in the M5al genome using the dbCAN web server (http:// csbl.bmb.uga.edu/dbCAN/annotate.php). The CAZymes of M5al consist of 93 glycoside hydrolases (GH), 48 glycosyltransferases (GT), 8 polysaccharide lyases (PL), 29 carbohydrate esterases (CE), 10 auxiliary activities (AA), and 22 carbohydrate-binding modules (CBM). Notably, the CAZymes of M5al contain seven cellulases (two endoglucanases and five β-glucosidases), six xylanases, and seven pectinases (Table S1 ).
Most plant cell wall-degrading enzymes involved in enterobacterial phytopathogenesis are secreted through the type II secretion (T2S) system [17] . The plant cell wall-degrading enzymes to be secreted are first translocated from the cytoplasm into the periplasm through the Sec general secretory pathway or the twin-arginine translocation (Tat) system [18] . M5al contains genes encoding all the components of the T2S, Sec, and Tat systems (Table S2) .
M5al grew on agar media containing cellubiose, xylan, or pectin as the sole carbon source and likely secreted β-glucosidases, xylanases, and pectinases into agar media ( Fig. 1) , indicating that the T2S, Sec, and Tat systems are functional. However, M5al did not show a clear endoglucanase activity for degradation of carboxymethyl cellulose ( Fig. 1 ). We propose that M5al may produce 1,3-propanediol and 2,3butanediol through degradation of plant cell wall biomass after activation of its endoglucanases and introduction of foreign exoglucanases.
Bacteria can use plant cell wall-degrading enzymes to weaken the plant cell walls and infect plant tissues. We introduced the plasmid pPROBE-pTet r -TT [19] carrying the gfp reporter into M5al, inoculated rice seedlings grown in a semi-solid medium with the gfp-labeled M5al cells (1 × 10 7 cells per seedling), and visualized bacterial infection of rice roots using laser scanning confocal microscopy. The gfp-labeled M5al cells preferentially colonized the root border cells surrounding root caps, root hair zones, and the junctions between primary roots and lateral roots ( Fig. 2) , showing typical colonization patterns of rhizobacteria [19, 20] . The gfp-labeled M5al cells also colonized the cracks of emerging lateral roots and disrupted root epidermal cells but did not massively degrade the plant cell walls leading to root rotting symptoms ( Fig. 2) . Therefore, M5al controls the plant cell wall-degrading activities and is not pathogenic to the rice seedlings. Yoo et al. noted that M5al showed a low level of N 2 fixation in association with rice plants [21] . Likely, M5al can be used as a model strain to study the mechanisms of bacterial N 2 fixation contributing to non-legume plants.
Siderophores are low molecular weight iron chelators produced by microbes to sequester iron and perturb host iron homeostasis [22] . Bacteria can effectively uptake the nitrogenase metal cofactors Fe and Mo via siderophores to support N 2 fixation [23] . Moreover, siderophores act as both toxins and immunomodulators to the host to induce inflammatory cytokines and bacterial dissemination [22, 24] . Siderophores, especially yersiniabactin, aerobactin, salmochelin, and colibactin, are critical virulence factors of K. pneumoniae causing invasive disease in immunologically competent human hosts [25] . The M5al genome contains the gene clusters for synthesis and transport of enterobactin (Ent-Fep-Pfe cluster) and yersiniabactin (ybt cluster) and the genes encoding the aerobactin receptor (iutA) and transporter (FhuABCD) ( Table 1 ). Moreover, M5al is able to produce and secrete siderophores into agar media (Fig. S1 ). Enterobactin is the most common siderophore produced by the enterobacteria and has one of the highest ferric iron affinities [22] . To oppose iron acquisition by enterobactin, host epithelial cells and neutrophils secrete the protein siderocalin to bind and sequester enterobactin. However, yersiniabactin can evade siderocalin [22] . Therefore, further study is needed regarding the virulence of the yersiniabactin from M5al, as well as the function of the siderophores in relation to N 2 fixation and the production of 1,3propanediol and 2,3-butanediol by M5al. The virulent yersiniabactin system should be knocked out for the safe use of the model strain M5al.
Nucleotide sequence accession number
The complete genome sequence of the strain has been deposited in GenBank under the accession number CP020657. TonB-dependent siderophore receptor iutA
